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The role of correlations in the collective behaviour of microswimmer suspensions
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In this Letter, we study the collective behaviour of a large number of self-propelled microswimmers immersed
in a fluid. Using unprecedently large-scale lattice Boltzmann simulations, we reproduce the transition to bacte-
rial turbulence. We show that, even well below the transition, swimmers move in a correlated fashion that cannot
be described by a mean-field approach. We develop a novel kinetic theory that captures these correlations and
is non-perturbative in the swimmer density. To provide an experimentally accessible measure of correlations,
we calculate the diffusivity of passive tracers and reveal its non-trivial density dependence. The theory is in
quantitative agreement with the lattice Boltzmann simulations and captures the asymmetry between pusher and
puller swimmers below the transition to turbulence.
A suspension of particles that can extract energy from
their surroundings and transform it into self-propulsion is
an archetypal example of active matter [1, 2]. Such sys-
tems do not obey the principle of detailed balance [3] at a
single-particle level and their behaviour often differs signif-
icantly from that of passive suspensions at the same condi-
tions [4]. Experiments on self-propelled particles like bac-
teria [5–7], sperm cells [8], mixtures of microtubules and
molecular motors [9], vibrated granular rods [10], “Quincke
rollers” [11], and “colloidal surfers” [12] reveal the existence
of non-equilibrium steady states with non-zero macroscopic
fluxes in these systems. One of the most striking exam-
ples is the phenomenon of “bacterial turbulence” [7, 13–15],
whereby a suspension of swimming bacteria at sufficient den-
sity forms a state with large-scale, coherent fluid motion.
Previous analytical [16–19] and numerical [20–24] stud-
ies recognise long-range hydrodynamic interactions between
swimmers as a key ingredient of their collective motion; in the
absence of external forces and torques, these interactions can
be described by a dipolar field [25]. The main observation of
the previous studies is that bacterial turbulence only emerges
in suspensions of pushers (dipolar swimmers that expel fluid
along their long direction), and is absent for pullers (dipolar
swimmers that do the opposite). This conclusion has been
corroborated by mean-field kinetic theories that consider the
dynamics of a single swimmer in an average hydrodynamic
field produced by other particles [16–19, 24].
Below the transition to collective motion, previous theo-
retical studies view motile suspensions as random and fea-
tureless, only acquiring non-trivial properties above the tran-
sition. In this Letter we demonstrate that due to the long-
range nature of (unscreened) hydrodynamic interactions be-
tween swimmers, pre-transitional suspensions develop very
strong correlations that dominate their dynamical properties
(see also [27]). Strong spatial, temporal and orientational
correlations between swimmers act as precursors to bacterial
turbulence and are essential to understanding the transition.
FIG. 1. a) Schematic picture of the model and its parameters for a
pusher swimmer. b) Snapshots showing the fluid velocity (in units
of vs) from LB simulations of pusher suspensions below (left) and
above (right) the transition to turbulence. The vectors denote the
in-plane fluid velocity, while the color map shows the out-of-plane
component. c) Root-mean-square fluid velocity 〈U2〉1/2 from LB
simulations. The pusher results are presented for four different side
lengths of the cubic LB box: L = 25, 50, 100, and 200 in LB units
(see [26]); other curves are for L = 100. All densities are given in
units of the swimmer body volume fraction ρbody = (4pi/3)a3n,
with a ≈ 0.3 (see [26]).
We therefore develop a novel kinetic theory that goes beyond
mean-field and compare its predictions to particle-resolved
lattice Boltzmann (LB) simulations of up to 4 million hydro-
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2dynamically interacting microswimmers.
To illustrate the significance of swimmer-swimmer corre-
lations, we consider the advection of passive tracer particles
immersed in a microswimmer suspension. The effective tracer
diffusion constant is an observable sensitive to the dynamical
state of the system, and it has been extensively studied exper-
imentally in suspensions of bacteria [28–30] and algae [31–
33]. For low densities of swimmers, it has been predicted to
scale linearly with the swimmer density and to be identical for
pushers and pullers of equal dipolar strengths [29, 30, 34–37].
Here, we use LB simulations and kinetic theory to show how
correlations break the pusher-puller symmetry and result in
non-linear scaling of the enhanced diffusivity with swimmer
density. Our analysis suggests that these correlations become
significant even for densities as low as 10% of the critical den-
sity, with the latter being estimated at a volume fraction of
∼ 2% for E. coli-like parameters (see below).
Model description. We consider a 3-dimensional suspen-
sion of N microswimmers immersed in a fluid of volume V
at number density n = N/V . Each swimmer exerts a force on
the fluid, −Fp, representing the flagellum, and an equal and
opposite force, Fp, applied a distance l from the propulsive
force, representing the cell body; here p is the swimmer orien-
tation (see Fig. 1a). The body is modelled as a sphere with hy-
drodynamic radius a, while the velocity scale of this model is
defined as v0 ≡ F/(µl), where µ is the viscosity of the fluid.
The dipolar strength of each swimmer is given as κ = Fl/µ,
with κ > 0 representing pushers and κ < 0 pullers, and the
non-dimensional swimmer density is defined as ρ = nl3. To
facilitate comparison with experimental results, we also define
the reduced density ρbody = (4pi/3)a3n, where a is estimated
as described in [26], which gives an estimate of the volume
fraction based on the bacterial body volume. Each swimmer i
moves according to the following equations of motion:
r˙αi = vsp
α
i + U
α(ri), p˙
α
i = P
αβ
i ∇γi Uβ(ri)pγi , (1)
where Pαβi = δαβ−pαi pβi ,U(ri) is the fluid velocity at the po-
sition of swimmer i, and vs is the swimming speed (see [26]);
Greek indices denote Cartesian components. In addition to
being rotated by the fluid, the orientation of each swimmer is
randomized with average tumbling frequency λ [38].
Lattice Boltzmann simulations. Large-scale numerical sim-
ulations of up to O(106) hydrodynamically interacting mi-
croswimmers in cubic boxes with periodic boundary condi-
tions were performed using a D3Q15 lattice Boltzmann (LB)
algorithm. The swimmers are described using the point-force
implementation developed by Nash et al. [39, 40], which ac-
curately captures the full far-field interactions between the
particles, while neglecting short-range hydrodynamics, lubri-
cation effects and non-hydrodynamic interactions; see [26] for
further details. As shown in Fig. 1b, we qualitatively cap-
ture the transition from seemingly random motion at low den-
sity of swimmers, to bacterial turbulence at higher densities
of pushers, visible as large-scale fluid vortices and jets. Quan-
titatively, this is characterised in Fig. 1c as a rapid deviation
of the root-mean-square fluid velocity 〈U2〉1/2 for pushers at
ρbody ≈ 0.02 (i.e., close to the experimentally observed tran-
sition densities [7, 13]), from the expected ρ1/2 behaviour at
low density to a state with much larger velocity fluctuations;
for pullers, correlations lead to 〈U2〉1/2 increasing slower than
ρ1/2. Figure 1c also highlights the strong system-size depen-
dence of these results: velocity fluctuations change apprecia-
bly when going from a box length of L = 25 (N ' 103−104,
comparable to previous particle-resolved studies [22–24]) to
L = 200 (N ' 106 − 107), indicating the need for very
large-scale simulations (at least L = 100 and N ' 105) to
describe the collective motion in these systems. We postpone
further characterisation of the turbulent state to future stud-
ies, and in the following we focus on velocity fluctuations in
the pre-transitional region (ρbody ≤ 0.02) and the buildup of
correlations that lead to bacterial turbulence.
In Fig. 2, we make the observation that, in this den-
sity regime, interactions between swimmers are dominated
by their mutual rotation, while the effect of advection is sec-
ondary. There we also show results obtained for so-called
shakers – particles that apply forces to the fluid but do not
swim. These behave very similarly to swimmers, not only
qualitatively [41] but also quantitatively, indicating that the ef-
fect of swimming is subdominant. We now proceed to develop
the kinetic theory, where the latter observation will prove to be
mathematically convenient.
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FIG. 2. Variance of the fluid velocity as obtained from LB simula-
tions (symbols) and kinetic theory (lines), normalized by its mean-
field value 〈U2〉mf = 21v0ρκ2n/(2048n). The density is normal-
ized by the critical density ρc = 5λn/|κn| . The blue line shows the
mean-field prediction, which matches simulations when swimmer-
swimmer interactions are switched off. Orange and green triangles
are LB results for pusher shakers without either advection or rotation
by the fluid. The theoretical results were obtained by numerically
solving the full integrals given before Eq. (8)
.
Kinetic theory. The central theoretical tool developed in
this Letter is a kinetic theory that describes the suspension at
a coarse-grained level. We assume that the swimmer density ρ
is sufficiently low that the single-swimmer Fourier-space ve-
locity field uk(p) can be described by that of a regularised
3point dipole [42]:
k2uαk(p) = −iκA(k) (k · p) [pα − k−2kα(k · p)]. (2)
Here, k = |k|, A(x) = x2K2(x)/2 with K2 the modi-
fied Bessel function of the second kind, and  is a regular-
isation parameter. The starting point of any kinetic theory
is standard [43] and is briefly summarised in the following.
The dynamics of the system is described by the master equa-
tion [44] for the N -body probability density function (PDF)
fN (z1, ..., zN , t), with zi = (ri,pi). We then introduce the
reduced PDFs fs = N !/(N−s)!
∫
dzs+1...dzNfN and derive
a BBGKY hierarchy for the fs [26]. This hierarchy is conve-
niently written in terms of connected correlations gs defined
by f2(z1, z2, t) = f1(z1, t)f1(z2, t) + g2(z1, z2, t) and simi-
larly for higher orders. To close the exact BBGKY hierarchy
in a controlled way, we follow the approximation scheme used
in equilibrium [43, 45–48] and non-equilibrium [49, 50] sys-
tems with long-range interactions, such as plasmas and self-
gravitating systems. We consider the limit of a large number
of swimmers, N  1, at a fixed density ρ; our approach is
perturbative in the small parameter 1/N , not in ρ, and, for
this reason, we get accurate predictions even close to the on-
set of bacterial turbulence. In this limit, and in the absence of
hidden divergences [51], we can demonstrate that f1 ∼ O(1)
and gs ∼ O(1/Ns−1). At leading order, gs = 0 for s ≥ 2,
we obtain the mean-field approximation already analysed in
the literature for swimmers [16–19, 24] and suspensions of
passive rods [52]. In this Letter we go beyond the mean-field
approximation, retaining g2 and discarding gs for s ≥ 3 [26];
henceforth, we use f ≡ f1 and g ≡ g2.
The perturbative analysis summarized above shows that g
solves
∂tg + L
(1)
f [g] + L
(2)
f [g] = C , (3)
where [53]
C ≡ 3
( n
4pi
)2 [
pα1 p
β
1∇αuβ(r1 − r2,p2)
+pα2 p
β
2∇αuβ(r2 − r1,p1)
]
, (4)
and
Lf [h]= λh− λ
4pi
∫
dp′h+∇α(vspαh) (5)
+
n
4pi
∂α
(
Pαβ∇γUβmf [h] pγ
)
,
where we used the notation ∂α ≡ Pαβ ∂
∂pβ
. Here,
Uαmf [h](r) =
∫
dr1dp1 u
α(r−r1,p1)h(r1,p1, t), and Lf [h]
is the mean-field operator V linearised close to f and act-
ing on the function h, where V = ∇α(r˙αmff) + ∂α(p˙αmff) +
λf− (λ/4pi) ∫ dpf and (r˙mf , p˙mf) are given by Eqs. (1) with
Uα(ri) replaced by Uαmf [f ](r); L
(i)
f acts on zi.
Motivated by our numerical observation that the nature of
the transition and the properties of the suspension can be un-
derstood in the absence of self-propulsion, we consider only
the case of vs = 0. We stress that, while being significantly
more complex, all the results presented below can also be ob-
tained for vs > 0, as will be shown in a forthcoming publica-
tion [54].
We now introduce an Ito¯ white noise η with covariance
E[η η] = C δ(t − t′), where E denotes the average over η,
and C is given by Eq. (4). Formally, the connected correla-
tor g can be written as g(z1, z2, t) = E[δf(z1, t) δf(z2, t)],
where δf solves
∂tδf + Lf [δf ] = η . (6)
Because g is the covariance of density fluctuations close to f ,
these fluctuations are described by the random field δf . Be-
ing small, they are given by a linear stochastic process, Eq.
(6), although the variance of the noise C is non-trivial and
could not have been guessed a priori. It is also remarkable
that, as a result of the coarse graining procedure, the den-
sity fluctuations are described by a stochastic process even
when the underlying microscopic dynamics are determinis-
tic (λ = 0). Equations (3) and (6) can be solved exactly
to yield δf = e−tLf δf(t = 0) +
∫ t
0
e−(t−s)Lf η(s)ds and
g =
∫ t
0
e−sL
(1)
f e−sL
(2)
f C ds [55]. As δ˜f = e−tLf δ˜f(t = 0)
solves ∂tδ˜f + Lf [δ˜f ] = 0, to compute g we only need the
solution δ˜f of the above deterministic dynamics, with appro-
priate initial conditions set by C. It turns out that δ˜f can
be found exactly for a generic initial condition [26]. For
the fluctuations of the fluid velocity in Fourier-Laplace space
δ˜U
α
k(ω) =
∫
d2p′ uαk(p
′) δ˜fk(p
′, ω), we then obtain the fol-
lowing closed expression
δ˜U
α
k(ω) =
1
C0(k, ω)
∫
d2p
δ˜fk(p, t = 0)u
α
k(p)
−iω + λ (7)
where, for the regularised dipolar field in Eq. (2), we have
C0(k, ω) = 1 − (κn/5)A(k)/(−iω + λ). Equation (7)
is valid under the assumption that the dynamical state de-
scribed by f is linearly stable, which corresponds to the ze-
ros ω∗ = ωR + iωI of C0(k, ω) having negative imaginary
parts in the Laplace domain, ωI < 0. These zeros are given
by ωR = 0 and ωI(k) = −λ + κnA(k)/5, which implies
that a suspension of pullers (κ < 0) is always stable, while
pusher suspensions (κ > 0) are stable only if n < 5λ/κ, in
agreement with earlier results [16–19].
We note the emergence of the characteristic time-scale ω−1I ,
which describes the typical time for a small fluctuation of the
fluid velocity to relax. At ρ = 0 it reduces to ω−1I = λ
−1,
while upon increasing the density, it decreases for pullers and
increases for pushers. This suggests qualitative differences
between the statistical properties of suspensions of pushers
and pullers even below the onset of bacterial turbulence.
Fluid velocity variance. We now compare the ki-
netic theory developed above with the results of LB
simulations by computing the variance 〈U2〉 of the
fluid velocity: 〈U2〉 = 〈U2〉mf + 〈U2〉corr, where
〈U2〉mf = n/(4pi(2pi)3)
∫
dkdpuαk(p)u
α
−k(p) is the mean-
field contribution and 〈U2〉corr contains corrections in-
4duced by swimmer-swimmer correlations. Using the for-
mal solution for g and Eqs. (4) and (7) we ob-
tain 〈U2〉mf = v20 ρκ
2
n
15pi2
∫∞
0
dkA2(nk) and 〈U2〉corr =
−v20 ρ
2κ3n
75pi2
∫∞
0
dkA
2(nk)
ωn(nk)
, which is well approximated by [26]
〈U2〉
v20
≈ 21ρκ
2
n
2048n
[
1± ρ(2ρc ∓ ρ)
2ρc(ρc ∓ ρ)
]
, (8)
where the upper sign corresponds to pushers and the bottom
one to pullers. Here, we have introduced the non-dimensional
units κn = κ/(l2v0), n = /l, ωn = ωI l/v0, and λn =
λl/v0, using l and l/v0 as the respective length- and time-
scales. The density ρc ≡ 5λn/|κn| corresponds to the on-
set of collective motion for pushers, and acts as a character-
istic density scale for pullers. Fig. 2 shows excellent agree-
ment between this prediction and the LB data, even close to
the onset of turbulence, emphasising the non-perturbative na-
ture of our approach. Equation (8) and the data in Fig. 2 can
also be used to assess the relative importance of correlations:
for ρ . 0.1ρc, pushers and pullers behave equivalently and
follow the mean-field prediction, while above it, correlations
have to be taken into account to obtain correct quantitative
predictions. We furthermore note that, using the body volume
(4pi/3)a3 with a ≈ 0.3 [26], we obtain ρbodyc ≈ 0.023, in
good agreement with the experimentally observed transitional
volume fractions of 2% in E. coli [7] and B. subtilis [13].
Enhanced diffusivity. We now consider the advection of a
passive tracer with the dynamics x˙ = U(x, t) immersed in a
suspension of shakers. Its long-time motion is diffusive [56],
and we use the kinetic theory developed here to calculate its
effective diffusion constant Dh. Denoting by xt the tracer
position at time t, we have 〈|xt − x0|2〉 = 6Dht, with Dh
related to the fluid velocity autocorrelation by [57]
Dh =
1
3
∫ ∞
0
ds C(xs, s,x0, 0). (9)
Here, C(xs, s,x0, 0) = E [δUα(xs, s) δUα(x0, 0)] and δU
is the fluctuating fluid velocity obtained from the solution
of Eq. (6). The computation of Dh is greatly simpli-
fied by iteratively inserting the solution of the tracer dy-
namics into Eq. (9), recalling that δU is small, and thus
Taylor expanding around x0 (see [58, 59]). At leading or-
der, we obtain Dh ' 13
∫∞
0
ds C(x0, s,x0, 0), where correc-
tions due to higher-order correlations have been discarded in
agreement with the approximations made in the kinetic ap-
proach. Given the solution of the linear dynamics, the diffu-
sivity reads Dh/(lv0) = − ρκ
2
n
45pi2
∫∞
0
dkA2(nk)/ωn(kn) +
ρ2κ3n
225pi2
∫∞
0
dkA2(nk)/ω
2
n(kn), and is approximated by [26]
Dh
Dfreeh
≈ 1
2
[
1 +
ρc
ρc ∓ ρ ±
(
ρ
ρc
+
ρρc
(ρc ∓ ρ)2
)]
. (10)
As in Eq. (8), the top (bottom) sign corresponds to pushers
(pullers). In the low density limit, Dh → Dfreeh + O(ρ2),
where Dfreeh /(lv0) = 〈U2〉mf/3λnv20 = 7ρκ2n/(2048nλn)
is the diffusivity obtained from discarding interactions be-
tween shakers. An interesting observation is that Dfreeh is,
contrary to the variance of the fluid velocity, sensitive to the
presence of self-propulsion: for shakers, Dfreeh diverges as
n → 0, while an analogous computation for swimmers gives
Dfreeh /lv0 = ρκ
2
n/48pi, in agreement with earlier theoretical
predictions [29, 30, 34–37]. We have confirmed this differ-
ence ofDfreeh between shakers and swimmers through LB sim-
ulations at low density.
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FIG. 3. Diffusivity Dh, normalised by its value Dfreeh in the non-
interacting limit of passive tracers, as a function of the reduced swim-
mer density ρ/ρc. Symbols denote results from LB simulations of
shakers or swimmers and solid lines show predictions of the kinetic
theory for the same parameters as in Fig. 2. Error bars represent
one standard deviation, estimated by averaging over four separate
LB runs. The theoretical results were obtained by numerically solv-
ing the integrals before Eq. (10).
In Fig. 3, we show that the enhanced diffusivity of tracers
measured in LB simulations is perfectly described by the ki-
netic theory even close to the onset of turbulence. We further
observe that Dh deviates from Dfreeh even for small densities
of shakers, again highlighting the importance of correlations.
Moreover, Eq. (10) correctly predicts how Dh depends dif-
ferently on ρ for pushers and pullers – an effect that has only
briefly been discussed in the literature [22, 24, 33, 60, 61].
An approach previously used by several authors [29, 30,
34–37] to predict Dh considers tracer displacements due to
scattering from a single swimmer. This leads to Dh '
Dfreeh ∼ ρκ2n, and reflects the pusher-puller symmetry upon
time-reversal in the Stokes equation. The extension of this
argument to scattering by any finite number of swimmers
presents a conceptual problem: the tracer displacement due
to a scattering event by a collection of pushers can also be ob-
tained in a suspension of pullers whose initial positions are set
equal to the final positions of the pushers, with their orienta-
tions reversed. This argument thus suggests that Dh should
be equal for pushers and pullers at all densities, at odds with
the numerical data in Fig. 3. The caveat in this argument is
that it assumes a uniform sampling of initial conditions for the
swimmers, while correlations between them will make some
configurations more probable. When taken into account prop-
5erly, these correlations break the pusher-puller symmetry even
at moderate densities, as in Eq. (10).
Conclusions. In this Letter, we have presented results
from a novel kinetic theory and unprecedently large particle-
resolved simulations of microswimmer suspensions, describ-
ing quantitatively the fluctuations and correlations that arise at
intermediate swimmer density. We have numerically shown
that the collective motion in swimmer suspensions is the re-
sult of their rotational dynamics in the flow created by other
swimmers, while self-propulsion and spatial correlations play
subdominant roles. We calculated the fluid velocity fluctu-
ations and the enhanced diffusivity of tracer particles, and
found significant deviations from the mean-field predictions
even at moderate swimmer densities. We demonstrated that
swimmer-swimmer correlations are responsible for these de-
viations and should thus be taken into account well below the
onset of bacterial turbulence. Understanding such correlations
is a prerequisite for a deeper understanding of the turbulent
state itself, in particular with regards to the presence or ab-
sence of a finite, characteristic length-scale in collective mo-
tion of microswimmers [5–8, 13–15].
Acknowledgements. Discussions with Mike Cates and
Joost de Graaf are kindly acknowledged. JS is financed by
a grant from the Swedish Research Council (2015-05449),
CN by EPSRC grant EP/J007404, RWN by Intel through
EPCC’s Intel Parallel Computing Centre, and AM by EP-
SRC through grant number EP/I004262/1. CN acknowl-
edges the hospitality provided by DAMTP, University of
Cambridge while most of this work was being done and
the support of an Aide Investissements d’Avenir du LabEx
PALM (ANR-10-LABX-0039-PALM). Research outputs gen-
erated through the EPSRC grant EP/I004262/1 can be found
at http://dx.doi.org/10.7488/ds/1703.
Author contributions. JS and CN contributed equally to this
work.
∗ joakim.stenhammar@fkem1.lu.se
† cesare.nardini@gmail.com
‡ alexander.morozov@ph.ed.ac.uk
[1] S. Ramaswamy, Annu. Rev. Condens. Matter Phys. 1, 323
(2010).
[2] M. Marchetti, J. Joanny, S. Ramaswamy, T. Liverpool, J. Prost,
M. Rao, and R. A. Simha, Rev. Mod. Phys. 85, 1143 (2013).
[3] M. E. Cates, Rep. Prog. Phys. 75, 042601 (2012).
[4] “Physics of complex colloids,” (Societa´ Italiana di Fisica,
Bologna, 2013) Chap. From Clarkia to Escherichia and Janus:
the physics of natural and synthetic active colloids, p. 317,
arXiv:1306.4799.
[5] C. Dombrowski, L. Cisneros, S. Chatkaew, R. E. Goldstein,
and J. O. Kessler, Phys. Rev. Lett. 93, 098103 (2004).
[6] A. Sokolov, I. S. Aranson, J. O. Kessler, and R. E. Goldstein,
Phys. Rev. Lett. 98, 158102 (2007).
[7] J. Gachelin, A. Rousselet, A. Lindner, and E. Clement, New. J.
Phys. 16, 025003 (2014).
[8] A. Creppy, O. Praud, X. Druart, P. L. Kohnke, and
F. Plouraboue´, Phys. Rev. E 92, 032722 (2015).
[9] T. Sanchez, D. T. N. Chen, S. J. DeCamp, M. Heymann, and
Z. Dogic, Nature 491, 431 (2012).
[10] D. L. Blair, T. Neicu, and A. Kudrolli, Phys. Rev. E 67, 031303
(2003).
[11] A. Bricard, J.-B. Caussin, N. Desreumaux, O. Dauchot, and
D. Bartolo, Nature 503, 95 (2013).
[12] J. Palacci, S. Sacanna, A. P. Steinberg, D. J. Pine, and P. M.
Chaikin, Science 339, 936 (2013).
[13] A. Sokolov and I. S. Aranson, Phys. Rev. Lett. 109, 248109
(2012).
[14] J. Dunkel, S. Heidenreich, K. Drescher, H. H. Wensink, M. Ba¨r,
and R. E. Goldstein, Phys. Rev. Lett. 110, 228102 (2013).
[15] H. H. Wensink, J. Dunkel, S. Heidenreich, K. Drescher, R. E.
Goldstein, H. Lo¨wen, and J. M. Yeomans, Proc. Natl. Acad.
Sci. USA 109, 14308 (2012).
[16] D. Saintillan and M. J. Shelley, Phys. Rev. Lett. 100, 178103
(2008).
[17] G. Subramanian and D. L. Koch, J. Fluid. Mech. 632, 359
(2009).
[18] C. Hohenegger and M. J. Shelley, Phys. Rev. E 81, 046311
(2010).
[19] D. Saintillan and M. J. Shelley, Comptes Rendus Phys. 14, 497
(2013).
[20] D. Saintillan and M. J. Shelley, Phys. Rev. Lett. 99, 058102
(2007).
[21] C. W. Wolgemuth, Biophys. J. 95, 1564 (2008).
[22] D. Saintillan and M. J. Shelley, J. R. Soc. Interface 9, 571
(2011).
[23] E. Lushi and C. S. Peskin, Comput. Struct. 122, 239 (2013).
[24] D. Krishnamurthy and G. Subramanian, J. Fluid. Mech. 781,
422 (2015).
[25] E. Lauga and T. R. Powers, Rep. Prog. Phys. 72, 096601 (2009).
[26] See Supplemental Material at [URL will be inserted by pub-
lisher].
[27] Y. Qian, P. R. Kramer, and P. T. Underhill, Phys. Rev. Fluids 2,
043104 (2017).
[28] X.-L. Wu and A. Libchaber, Phys. Rev. Lett. 84, 3017 (2000).
[29] G. Min˜o, T. E. Mallouk, T. Darnige, M. Hoyos, J. Dauchet,
J. Dunstan, R. Soto, Y. Wang, A. Rousselet, and E. Clement,
Phys. Rev. Lett. 106, 048102 (2011).
[30] A. Jepson, V. A. Martinez, J. Schwarz-Linek, A. Morozov, and
W. C. K. Poon, Phys. Rev. E (2013).
[31] K. C. Leptos, J. S. Guasto, J. P. Gollub, A. I. Pesci, and R. E.
Goldstein, Phys. Rev. Lett. 103, 198103 (2009).
[32] R. Jeanneret, D. O. Pushkin, V. Kantsler, and M. Polin, Nat.
Commun. 7, 12518 (2016).
[33] H. Kurtuldu, J. S. Guasto, K. A. Johnson, and J. P. Gollub,
Proc. Natl. Acad. Sci. USA 108, 10391 (2011).
[34] Z. Lin, J.-L. Thiffeault, and S. Childress, J. Fluid Mech. 669,
167 (2011).
[35] D. O. Pushkin and J. M. Yeomans, Phys. Rev. Lett. 111, 188101
(2013).
[36] T. Kasyap, D. L. Koch, and M. Wu, Phys. Fluids 26, 081901
(2014).
[37] A. Morozov and D. Marenduzzo, Soft Matter 10, 2748 (2014).
[38] The rotational dynamics of Eq. (1) corresponds to flow-aligning
swimmers, and is valid in the limit l a; the generalisation to
finite aspect ratios is straightforward and does not change the
main conclusions drawn from the model.
[39] R. W. Nash, R. Adhikari, and M. E. Cates, Phys. Rev. E 77,
026709 (2008).
[40] R. W. Nash, R. Adhikari, J. Tailleur, and M. E. Cates, Phys.
Rev. Lett. 104, 258101 (2010).
6[41] Y. Hatwalne, S. Ramaswamy, M. Rao, and R. A. Simha, Phys.
Rev. Lett. 92, 118101 (2004).
[42] R. Cortez, L. Fauci, and A. Medovikov, Phys. Fluids 17,
031504 (2005).
[43] R. Balescu, Statistical Dynamics: Matter out of equilibrium
(Imperial College Press, 1997).
[44] C. W. Gardiner, Handbook of stochastic methods, 3rd ed.
(Springer, 2004).
[45] D. R. Nicholson, Introduction to plasma theory (Wiley, 1983).
[46] J. Heyvaerts, Mon. Not. R. Astron. Soc. 407, 355 (2010).
[47] A. Campa, T. Dauxois, and S. Ruffo, Phys. Rep. 480, 57
(2009).
[48] F. Bouchet, S. Gupta, and D. Mukamel, Physica A 389, 4389
(2010).
[49] C. Nardini, S. Gupta, S. Ruffo, T. Dauxois, and F. Bouchet, J.
Stat. Mech. Theor. Exp. 2012, L01002 (2012).
[50] C. Nardini, S. Gupta, S. Ruffo, T. Dauxois, and F. Bouchet, J.
Stat. Mech. Theor. Exp. 2012, P12010 (2012).
[51] This hypothesis is checked a posteriori showing that the final
results keep the order of magnitude assumed.
[52] M. Doi and S. F. Edwards, The theory of polymer dynamics
(Oxford University press, 1988).
[53] We assume here f = n/4pi, which simplifies significantly both
the expressions for C and for Lf and corresponds to a suspen-
sion which is isotropic and homogeneous on average. Their ex-
pressions for general f is given in [26].
[54] C. Nardini, J. Stenhammar, and A. Morozov, in preparation.
[55] We assume here g(t = 0) = 0. A different initial condition for
g only amounts to a transient, exponentially decaying contribu-
tion which does not affect the stationary properties.
[56] J.-L. Thiffeault, Phys. Rev. E 92, 023023 (2015).
[57] R. Kubo, Rep. Prog. Phys. 29, 255 (1966).
[58] F. Bouchet and T. Dauxois, J. Phys. Conf. Ser. 7, 34 (2005).
[59] F. Bouchet and T. Dauxois, Phys. Rev. E 72, 045103 (2005).
[60] P. T. Underhill, J. P. Hernandez-Ortiz, and M. D. Graham, Phys.
Rev. Lett. 100, 248101 (2008).
[61] T. Ishikawa, J. T. Locsei, and T. J. Pedley, Phys. Rev. E 82,
021408 (2010).
